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Abstract: Acting as energy source, metabolite, or signaling molecule, sugar is very important for plant
growth and development. Sugar is involved in flowering, senescence, embryogenesis, seed germination,
pollen germination, root development, branching and tillering, seedling development, and stress tolerance
via complex networks. In recent years, some plant sugar sensors and downstream signaling players have
been identified, and the sugar signal transduction pathways in plants have been revealed through forward
and reverse genetics approaches. In this paper, recent advances in the synthesis and metabolism of sugar,
the physiological function of sugar, sugar signal transduction, and the crosstalks between sugar and phy-
tohormones such as abscisic acid, ethylene, auxin, gibberellin, brassinosteroids and other hormone sig-
nals in higher plants are reviewed, and future research is prospected.
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B (sugan) RAEMAEK K G P ARH BT 5 1
HEYZ —. VB ROERRAREE %S
W 2% B N AT AR IR R GE R AR KR B S RS
SHEHMYOLES . #oES. BERESL, B
52 R B AR X 4

1 3o 57 e 452 U AE W) 400 B T (Arabidopsis thali-
ana) FEFH G RAZAR, 1R 2 K B AIFE 5 37 5 40 G
(1) AR L€, B35 %1 %) B (glucose, Gle). M
(sucrose, Suc). F-HH(fructose, Fru)Z5 k5 1 837 25 ;
RN . AR TR R THE ST
IALE, DA 5 SR 2 (R A BAE A .
ASLERIR T 3T 4R 1KLL 58 1 T 703 e

2 EMPHRERN SRS K

WE TR, Y8 s G 1E A s R )
FEWEER P M (triose phosphates, TP)., 7ETP#%4iz &
HEER T, TPz &N g, 208 & Fh 3

SFS

AR APRE SOBESRAT A . TP AT LU AL S i %
Fi -6- % 2 (glucose-6-phosphate, G6P) B¥, % % 4 - 1-
1% 1% (glucose-1-phosphate, G1P), F: it — & 2 e
K i A7 AE 2R A, A AT DAAE 48 5T & il Suc I gk
17K IR & is i, GOPL R — 1 % i %) H% (UDP glu-
cose, UDPG)TE GBS & B T BB RR T Ui
BN (trehalose, Tre). P23 A b AR 2 (R UE o 15 JE IS
SAE T 2 R 92 27 B (maltose, Malt)fIGle, &1t
% P S SR IE G T PARIGGEP, i 2 5 Suc s iliak
HoAmAR & 4% (Fettke fllFernie 2015). Suciii sk #) iz
5 MU 245 B 18 20 F A ) PR 2R A2 2, i, &)
M B, B, Suc )R BN AL S,
Bl A o BE L 20 B RN VR A 1 B 43 R A Gle Fru
MUDPG%. Gleiliit 2 5 & oAl 43 fig A Uit 72,
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Fig. 1 Schematic diagram of the synthesis of carbohydrates in plants

Suc: sucrose, /&% Glc: glucose, #) #)4%; Fru: fructose, & 4%; Tre: trehalose, /%3 4%, ADP: adenosine diphosphate, — 5%
B% I3 ; ADPG: adenosine diphosphate glucose, — % B2 It %] 4 #2; GOP: glucose-6-phosphate, #] %) #%-6-%% &% ; G1P: glu-
cose-1-phosphate, #] Zj#%-1-#5#:; HP: hexose phosphates, T¥&#%84; Malt: maltose, % 3 #%; TP: triose phosphates, #EHL 7 4% ;

2 2R g

T6P: trehalose-6-phosphate, i 3 #E-6-#5 82 ; UDP-glucose: uridine diphosphate glucose, /¥ — BB H] £ 42, —: A% @: 4415

xa.
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HGRIAHAMAEKKE, FHEYIER 242 )5
(Valifard22021).

FE R TTAEI RN BB S, dEFr BB R,
9SS B KRS J7 . BEAE IR S B AR
B SEER, S 544K AED . R
FHE RSB Ao

TEYIINE FRAEKFAR RN AT KR 2, Suc

22 NI i N ZE 1) T 73 AR 2021, (R JTAE . miR-
156 (1) FR I8 23 78 5 55 Bl 53¢ Ja 7K V- 52 3] e e P2 0%
=5 I E, 585 5 KT SPL (squamosa promot-
er binding protein-like)f3 2 5 (R HEAE Y A N AL 2R
T G- R (T6P). 1 TOPHIHImiR 156 1%, SPL
FEmiR 1568EIER], SPLAZ (LB I+ I E TR A ]
AR B AR K B 4 1Y) R S DR 1, DR TOP i s A

HEME ﬁil — WL B

susy

ﬁuope
MYB75 .= N S T S I — ‘ IS
WRKY20<—i{Suci —>i{ Frui+{ Glc{—>GePp ——>{T6P|\——>iTre { —— ——>{ Fru {+{ Glc_ i—>miR824a
l / l miR161
FRK
ABA FLN HKX1 7 R bHLH104
l l l ANAC060
ABI3, ABI5 o . -
= I :
FBP EEHE m'er’ l
MTF B ABI3/4/5 A SPL it
ERF1 RK1/AtKINT TOR
HEHE SnRK1/AtKIN10
HEHEM
WRKY18 o bZIP63
WRKY53 MYC2
bzIP11 EIN2
NAC2 ;4\{”
TREEAE K BIERE

B2 #EEXESESERE

Fig. 2 Sugar-related signal transduction pathways

JEHE (Suc) Fo ify F A8 (Tre) A =42, #] £ 45 (Gle) A= RAE(Fru) A #45. HXK1. RGS1 % Gle& % % (sensor), FRK, FLN#A=
FBP A R A &% %5, SnRK1/KIN104=TOR # 2 2% %5 . bZIP: basic region-leucine zipper transcription factor, i X - 55 &
B2 4544 45 B F; CWL cell wall invertase, 4m i, 5% 4284 ; Fru: fructose, 34%; FLN: fructokinase-like, % & #5:% 8 ; FRK: fruc-
tokinase, R ¥Ei# B4 ; FBP: fructose phosphatase, R ¥& 5B B4; Glc: glucose, #) #)4%; G6P:glucose-6-phosphate, %] %) #5-6-55H4 ;
HXK: hexokinase, T.#%&# 8 ; IAA: 3-indoleacetic acid, ¥ Z B ; INV: invertase, & #%8; KIN: SNF1-related protein kinase,
SNF148 % & & % #; Me: methylation, F #4t; RGS: regulator of G protein signaling, G& & 15 5 78 %5 ; SL: strigolactone,
J B4 A B5 ; Suc: sucrose, A #%; SnRK: sucrose non-fermentingl-related protein kinase, #% 3F &% #% & & 4 B%; SUSY: sucrose
synthase, &% 4 B&; TOR: target of Rapamycin kinase, % 8% % ¥e%& & ; T6P: trehalose-6-phosphate, 4 5 #%-6-%5 8% ; TPP:
trehalose phosphate phosphatase, &% 84 i 32 4% 55 82 B4; TPS: trehalose phosphate synthase, #: AE 5582 4-B4; Tre: trehalose, 3
#%; UDP-Glc: UDP glucose, /3 —FEBR H] £ 48 . —: PLBRAE A —1: I hI1E A .
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MIMNE FRAK A AR K e b, ToPIE T
SR FFTIRE FF AL R T 10 R 8 (K2; Mishra%s
2022).

PERERPIRE - Glefs 5 G 25 40 i A 1
i A2 1 SHH(DNA G B ) A G B R ) R0, (i AR
R4y 2H 2 (root apical meristem, RAM) & & . ik
TR (PR (2 JE AR TR i, {EL7E v e 20 B A s e
O ARG Gl T AR T 5, WOXT7AE T4 21 4 k2
AEHXK 11 T iE, wox7 5845 AR MIAR J5 544 H 2>,
T A B 30 58 4% S5 [ - WOXT7 I 2R 15, 301 41 A
IR CYCDG, 13235, Wi {2 MR & & (KongZ:
2016).

BE R AE Y0 10 i 52 58 70 . S BUKFE(Or-
yza sativa) F AP ) 28 5 B o A ) SWEET
SKIRTTHE, S 5 B BT R TS 1) e S DR 1 52 e S -
EETH: R IR R RIE o A5 R 1 ) 5 Vel 1 4 T
T8 45 1 I 2 RS 35 [RI AtSPS1F . AtSPS2FF1AtSPS3F,
DL K AtSUC2 FISWEET #3585 (1 RL Kl ) #6148, MM
IEHER ) 4 K (Esparza-Reynoso%52021).

W2 5165 RAER & g7 55 R . Suc
BEL I 717 75 2% (gibberellin, GA)/r S IRIDELLA K [9 4
filt, FMEE A K, WORAMYB7SHIRIE 5 EF R
(1240 4 BR(Li%52014) . 74> OsSWEET f, 71 (OsS-
WEETla. 1b. 4, 6a. 7c. 11. 14)7EF T Kk iz
B 5 0 P A RS M e R R R 4 /R, OsSWE-
ET4. OsSWEETI115 S5 & & 41, OsSSWEET115%
W E-VE R AR R AT 2 501 K B (Li552022).

4 IR
T IAEAE 3P T B R532 -, BIMST (mono-

saccharide transporter). SUT (sucrose transporter) &,
SUC (sucrose carrier), PL A SWEET (sugars will even-
tually be exported transporter, SWEET; Pommerrenig
£52018),

MSTH,FESTP. TST (tonoplast sugar transporter,
TST) FIVGT (vacuolar glucose transporter) 2§, Glc
LB STPH iz #E AL MRy 18k 6. #
T3 H (Geiger 2020). fIFF TN A A 1440STP
FLA, H P AtSPTY /2 GleH — iz F; 1M AtSTPI
R 1 iz Gle, W] DI 7U0E . 22 20 BEMUACHE;

AtSTP6FIAtSTP13 | 3 F 1% Fru (Geiger 2020).

TR HE L@ I B BE 5502 7 SUT. SUC 5 SW-
EET#5iz. JRENETE W) R 30 1 1K P 200 & 2l
Suc/H L1z 1, BISUTHESUC, AtSUC2. AtSUC3
MASUCHEW) BB 3RIE, HASUC2 51y BEFE 7]
455 AH 23638 76 o2, AtSUC2 70 557 15 T 3 M J5iE b
I NS 7 T-HERE S, BT i1
ASUCHE T RE A A5 2 4H i RA J57 340 7 B 200 1)
TRELRSE, K BB MTRTEL 1R AN B (XuE52020) . 7K A
H1, OsSUTS FMIOsSUT1 ) 55 1 i 4 1 55 F1 /7, Os-
SUT1 41 5 470 B 0 E AR5 4R, OsSUTS 32 B/ 5 F7 4%
BYEE AL R AR I (Wug2018).

KZHSWEETEY) & —PEA I, 7] LU IZGle,
FrufliSuc, fHSWEET17/2& —NFruk —#iz 1. SW-
EETI17 % BAE M YE A SRR 2R 2 A2 40 2 40 g vp
Fik, SWEET11. SWEETI12.5 i f ) -4 45 2H 23
HIE FEREA (Xus52020), 1506 BEE W) Rz 507
BEZH i 12 1F N 5T 44 (Chen®$2016)

5 EYITHESES

mE2 R, YA A BREHE S 5 S ALEI AR
Foko AFEZERBIPES 5 A A 2832 45 (sensor)
WO il R AS 5 7% 2 (R ), TREAT AU~
VR AL B REAE 5 . FAFAE CHEBIRE 5 R4
WA B AR CHE B PR (S 5 R GE. REHE
EE ARG RPEES RAMBERES RA%.
Z 5G5S A 1 B RS S, A
FR) 32 B AH S s IR 1 TR (R 2)
51 ERESES

RERIIE I e S R TR R R RS . RS
AtWRKY20( 3R 1L, JF HA R IEApL3 . ApL3%ih%
ADP-7] 7] ¥ £ 1k B2 i (ADP-glucose pyrophosphor-
ylase, AGPase), [AIlt, 1E H 2 (Dioscorea esculenta)
Hh YR R K AWRKY20] DL 2 i AGPase /) .
B[ AGP1HE R %35 (Zheng®52015) . 1E K3 (Hor-
deum vulgare), IEFL K5 7 OWRKY #4355 [K 7 1BA2
(sugar signaling in barley 2)7E Jtf ¥ 4b 1 1 H A A
SO T RIA, HEREE T WRKY & A2 EE b A
i (He%52021).

REREER R R/ 2 5REHE 58S . AbZIPII
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®1 BERERZES

Table T Common sugar sensor proteins

42, F i B S SCHk
ATXS B AHMTHEE RS T Liu%%2018
DELLA GRASHK G L S F R IR A Li%2014
FBP/FINS1 F b -6-FE IR ChoflYoo 2011
FRK SERE G Li%2014
HACI HE A LR R Chen%52021
HADG6/19 2H A AN 2. TERR6/19 Chen%%2021
HXK U Fukumoto%%2013
RGS G MBI SZ A8/ GTPEF IS 71 Urano%:2012
SDGS SETZ5 #4428 Li%2015
SNRK TREE AR R 2 1 Jamsheer252019
TOR HiNHERLEA Yuan®%2020

15 4EBH PE[X (5" untranslated region, 5" UTR){£7E
R 0 751 (Wiese252004); 35 UTRIGAEE
A4~ b3 FF % %) 2 AE (upstream open reading frames,
uORF), H A1 24 uORF 57 [ § 5210, WEiR AtbZIP11
FImRNASIZHEAR LS &, TSR] AbZIP11 (18 5%
(Rahmani%$2009). bk, B HELHE AT DL > 40 e
TF B IR TR K 2 BUmRNA R B 91 40 JeE B L
TRAE B KA 4 B 25 O AL S (AtHD1) 1Y)
wEPE, TR 2H 2 T H3FTHA 2884k, S2mEY)
R B (NicolaiZ2006).

JEE B A 30 o S 3 RORS P 3 5 i R A2 AL
SN AGPase. i i 1 K AGPase ff 4k 7 L 1) —
RN FARR T T AGPaseih 1, IR 5Glcif
RO AR [R], HREBE RO U T R AR S SR
51 7 12 15 AN [F] (Azoulay-Shemer52018) . Fif fi
A H R R RE s R ALSUTA R Al e th s 2 (1
AtCybS 2[R HAE . FENE AL B 246 A1 R,
(B Eatsutd Mlatcyb5 TR R, FERE 4HI1/E 1521
el o TR MR F AN 5271 45 05 (00 50, 2% BH RE W E
I FHLASUTAMIALCybS 2 [8] f £ FH ELAF A ) e
TR K (Li%52012) . FEREHDHIGA/ 3 DELLA
AR, TR A, O AMYB75
(112215, 75 SDFR (dihydroflavonol 4-eductase)fICHS
(chalcone synthase)%5 /¢ 75 2 A il 2 K R IA (LiZ5E2014),
XA e T REREFIGA % 4+ 5 GID (glucose-induced

degradation) 5z 1A 454 .

52 HERESES

BRI R A [ is i i £ 2B X,
B &8 A e 32 HARSY BIOHEE 50 T HXKI.
RGSI. SNRKIFITORZE CHIE ] A A )41l
IS 5HERE SR SNRE T, eniEE LT
Z5ESHS. a5 mRu. Y 53EEY
Filp3 ) 87 5 IR (1) 6 1A (Xiong Z2013)

Glef5 57 SR F XK 7. bHLH104HE05 3
15 AtPGR (plasma membrane Gle-responsive regulator)
#e3%k, 2 5PN Glef iV B2 (abscisic acid, ABA)
B M N (Min2%2019) . EIN3 B #2245 & /£ PAPI (pro-
duction of anthocyanin pigment 1)1 PIP5K9 (phos-
phatidylinositol monophosphate 5-kinase 9)¥] &zl 1
b, 1 PAPI AL HEPIPSK O 35 ; T PAP1 L
254 CINVI (cytosolic invertase 1)J3 3T, {2 #ECINVI
ik PIPSK9 5 CINVI B AR FF: A7 #CINVL, AT
R RERE /K f# A Gle A Fru, 1 Gleil i HXK 1 6 i
EIN3 G E . 3X N A2 )8 L M CINV IR
W FE AR A K (MengZ52020)

b 1R T, AR A 2 5GlefF 55
o HXKIBA A0 ) 1 %) B8 RS2 4%, HLS177A
I RAZ T BB AL Gle D e &k, (ER BoA i &
K52 3R T RE, AE 5 HXK S 8UR FE M5 A4
(Fukumoto%52013). =¥k £ Gle 1 26 T, TORI#H
L 2L EIN2 (ethylene insensitive 2)EPIN2 (pin-
formed 2) R 1% A0 73 8¢ 4t M AF K R4 A 5k
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Table 2 Transcription factors for sugar signal transduction

P FH 5 hie SRk
ABF2 AT1G45249 B 5ABA. HiGHMBESHS Des Marais®52015
ABI3 AT3G24650  HABAfES4 % Feng$2014
ABI4 AT2G40220  S5ABA(SSH % Liu%%2018
ABI5 AT2G36270  S5ABA(SSH % Yu%2020
ABRI AT5G64750 S S5ABARIBE TS, WRIBIE hin Pandey2%2005
ANACO060  AT3G44290  ifi FABISHE S, N HERIABA(E 5 Yu4§2020
ANAC089  AT5G22290 M Fru Li%2011
ARF10 AT2G28350 B HABAMAKRGESHS, MHRNAST Liu%$2007
ATAF2 AT5G08790 MRS T NESRATTRIAVE T, TGRS @A 52 Huh%$2012
AtbZIP1 AT5G49450  Z HHiE S %S, mpBiE e Kang52010
AtbZIP3 ATS5G15830 S B ik Sanagi%$2018
AtbZIP9 AT5G24800 Wi B (s = Pedrotti%42018
AtbZIP11 AT4G34590  32Sucififs, 2 5Treslk /KA S, Z 5RMAKRESHS  Wiese252004
AtbZIP63 AT5G28770  Wa B FIEIFEFIABA, 5480 MIARTE Sif 5% Viana%$2021
AtEIN3 AT3G20770 Wi 2 ) FIpE(E 5 Yanagisawa%52003
AtHB13 AT1G69780 P TSI S R Hanson%§2001
AtMYB75  AT1G56650  WRFE. ABA. JA. 2%, HKZE, W ST ESK Li%2021
AtSTKLI AT4G00238 7781 4 W e 1o Chung?%:2016
AtWRI1 AT3G54320 W RNHE(E S, WIS . M RE Zhai %2018
bHLH34 AT3G23210  WRH# & FEFIABAS 5 Wu%§2017
bHLHI104  AT4G14410  WRIFE(E S, HTia s Min%52019
GATA21 AT5G56860 i N GAFIHE(S 5 Chiang%5:2012
GGS1 AT3G11280 MM GIcHIGA(E S AREH 2452012
HIS2 AT2G30470 S S5HFIABAS 5% S Chen%2021
MYB56 AT5G17800  HHHE5S5E R R A, T ERg0H 2 Jeong&§2018
SHR AT4G37650 iR A /RE A HEEE N RIE R A E Cui®2012
WOX5 AT3G11260  HIEFEWREE Ramon%42008
WOX7 AT5G05770  WaSFE(E S, MR & & Kong=52016
WRKY18  AT4G31800 &5 AWk, A G [ v Chen%42021
WRKYS53  AT4G23810 5 24k, TR s S5 Chen%52021

F R 5343k A Phytozome#) Araport 11444 Z (https://phytozome-next.jgi.doe.gov).

(Yuan$2020). Jfl 48 5% 52 28 RGS 1 4 WNK 8 i 12
1k, S FRGSI M 75 (Urano252012); thAb, rsri-15%
AR F I AE HoXT ABA [ BB FEAR, OB
Tty (RS (1 A5 5 e 5 R0 A B R IR L AN 15 5
5K 14 F & (Funck®5$2012).

Glefg T SFAERMWIBL JZ 2 2. HACI
i 2B O O R R, hacl FRAZ RN =R FE
Suc NG, haclHAtPVA42aF1 AtPV42b3% 35 7K [
1%, T AtPV4A2aF1AtPVA2bSE SnRK1E &4 7y . 7

15 mmol-L ' Gleib#E T, HAC1'5WRKY 18 FIWRK Y-
53 H.AF, S 3 GPT2 (Glc-6-phosphate/phosphate trans-
locator 2). CHS (chalcone synthase) #1DFR (dihydro-
flavonol 4-eductase) % # i75 5 & [K] [y H3K 2 7ac /K ~F
4 11 (Chen%$2021). HAC1 8 5 4 ¥ % Gle i) 5%
7K 2% 75 FMEDS/MED25 H A 8 35 - 16 (Guo
£52021), PRI A NI ) F s R 7 WRKYS3 H % S
HDA9 H.AE, JE i WRKY53-HDAYK &1k, 2 5 R
UM SN, 5 VE 22 B I B FE D] (de Rooij%52020).
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1 TR B Gle PEAICH e 77 S A 2H 2 (1 Y R A R il 2k [
ATXSHE 1, HEBRHY 1 H3K4me3 5 8 4BI41)
Fik EiR(Liu2018).

AEILRNAZ SRS 58 T . S2MAmiRNA
G SEARK, thyll-2. dcll-11Fagol-25, 1E5-
IR B By BO GlefUg % T B (Duarte552013). 7
dell-9RAGAE Y, — B FR UL AR O HE R 1) 08 kA
AR, WEEE AN S MImiRIS9B YT T AL [l {fimi-
RE24AFNFUIR AR I ) miR 161 ) #EHE [K] (ConfrariaZs
2013). AP A A FE G InmiR 755 7E 40 75 7T AR Hh
B R, 0 1 2 LRE R RS Ml R R (Gal T 3%
IA B AR B AR B K (Gaddam55:2021) .

53 RFEESHS

R AR B —, WYY AEKK
H. FINSI (fructose insensitive 1)/FBP (fructose-1,
6-biphosphatase). FRK (fructokinase). FLN (fruc-
tokinase-like) 1] fE & B K 52 28 (1&2). FINS14E R
BEAE 5 % 5 U T HA) Bh B AN ORI AE R AR 7 THD
HIEALThRE . A% 7 BT E B, FINSI/E ] T ABAF)
T, (Efins] A5, ABI3. ABI4FIABISI ik
KPR F#(ChoAYoo 2011). A/ SZ R At
THXKIA™ T 03 & PR 1A R, (HABAGZ AR
{AFIABA/ 2.7 (ethylene, ETH)(Z 54 S 98 A5/ 32 T1L
HARFEBUR IR SR AL . AN[F T Col-0FILer ] ANA-
COS9EEH, ARG I Cvi’ Bl (1 A15g22290K5 R $2 /i
FINLE B Y T, G — > T I 58 A 45 4 1) B %
F ANACO089; ¥4 ‘Cvi’ [) ANACOS91E Ler i &
i, 7] FHLert WA BUR(LIZE2011).

R FE 1 SOBE 2 40 ) AR A ARG, (H 2
RAK. WUEIr il 2 K E PSK-a (phytosulfo-
kine-a) FIRGF7 (root meristem growth factor 7)% 5
Frotf A KR AEAR R P A BN AT 4%, HFrukt
HNEDEEER . A & B A & ATAA A
Y& SRR R B DR 1) 208, (H b 43 S a R b
it~ SuclUrk e 82T I B B AH G B PR 363, A\
T ADHL RS I B FARA K o Frudh FAR A=A 0
A B Sk FE Iz T Gle A Suckf F AR A K Ag il
#/E B I (499 £ (Zhong 252020; ChoH1Yoo 2011).
IEAN, MM Frufie HE AR A A= 5 R i A 7K P B Fru
VR P A B8 N FF 5, WARF7 (auxin response factor

7~ ARF19. LBDI6 (lateral organ boundaries-do-
main 16). LBDI8. LBD29%., 5 SucHLl, Fruxf
AR A K ) 38K AtSWEET17 /& AtSWEET
F PR S IS Fra ) R, H 32 SR O R
1&Fru. fEFrufb PR T, RA K atsweer7 (1) F AR
KR L HF AR R R, S R IAAISWEET 745 33 &
PR A 25 18, 2% W Frust 22 AR 4 40 1 £ FH 52 ArS-
WEETI 7Y 5200; T HASWEETI 74 AR %% 2E (1 fr
H R KB R, X R W Fro 5 AR 1) & 42 5%
(Valifard4$2021).

SR I A i A A R A S Y ) B, T
TEP VA Y BE P47, ISR AR . Al e
PLHE(CWI)il T 25028 Suc Gle. Fruffi 4 i () &k
FELLIR A0 s 2, Z 5ITEY AR mR
A AN e SRR, n 7 R O i R 0
IDFBAATTAR . fIAET . W E e BEmAR &R
AR EREE T AR A A PR 3255 (Tauzin
FGiardina 2014).

54 FERESES

VIR (Tre) s — MR JEE W, T2 A7E T
P EEAEY T . Y Trelf & & — MR,
BEAENE ST HEEEPEBER & 5 (trehalose
phosphate synthase, TPS). il IR ¥ 752 1 ik 112 T (tre-
halose phosphate phosphatase, TPP)Z: 5 Trelf] & i,
1] V5 752 4 i (trehalose)#f Tre 23 i A Gle (Fichtner%
2021), fEEIFIE KA F 11N TPSEK . 104~ TPP
B[R AN LA Y 35 3 Ity 2 (R (Paul 5 2008). UL RG 7%
TPSI# A RS, HIENADPH 7 A RIS AR i6
JiR BRI 1 o BT R A2, TPSTHER 2 IR i &
BT H I, Elps I RAR R IRIGEICH); TPSIIE
WK E, FEFRIETPSHEEALT 08, 4b
Jita TOP ] LK & 1ps1 3R 7Y, {H A1 it Tre A e (Paul &
2008).

TOP & e B 1 HEA7) 20 Hf P i PR OB (hexose
phosphate). UDPGHISuc (¥ # &P, K ToP ] /f
NES TR HEDERKE . TP TS FE b
BRI A, L35 X2 RERE 520 TOPBOETE ) &
BB AGPase M {2 HEVE A 7 B LAk, ABI4iH id
i 33k BUE B g 35 (R 5% 5%, IR Tre (1) 73 fi (Paul %5
2008). AEALSZIGAE R, & TOPM AN A& HoAth b S 0 il
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L FG 7+ SnRK 1 (AKINTO/AKINT 1) 384 il 3 P, 1 v
TR R 5 s i DR WRTLAE 338 1 iy R P 5 %, TOP
2338 B I R 11 45 il (Zhai%52018) .

TP T ML A . tps]-2RAIRAE28°Co%
R R IR R LL B A R 4 PIF42 R B IR
Tl A K () 3 R -, KINTOZE ik T (28°C) B R AL,
PIF4, {2 JEPIF4[%f#; GRIK1 (geminivirus rep-inter-
acting kinase 1) iR fL KIN10, 385 KINTOF) 154, 1M
ToPidE i GRIK i 1) 1842 1| KIN 101 7% 14 (Hwang
22019),

TreZ 5 N AHY) I 4 i . Wi Tre m |1
JHEL Iy i B SR AN 2 A AL, 32 S i RRIE SR BE(NR)
A 2 B Ve & BB (GS) R 45 2 I 1 280 — TR e 2 g
(GOGAT) i 1, & AU E A s ERH, —&
TR LM R BB ZREIR; MaER R L
AR, HhnTre 52 4R /M (Lin%52017).

b FEAE A ) Py 3 8 3 B TreAH 5 A i3 (R
AP . KRS S K FOsbHLH002/OsICE 1 ZEAE
B IE T 3 OsMAPK3 R 1L, 5 3 IR L OsICEL
(AR 2R, 17 OSICEL ] LA B 422 472 i3k 9 B it i W 2B 4
A OB (OsTPP ) B ] (1) Rk, 9 I Tre & &, 42
EFUA T (Zhang22017).

Trelfiid 2 5 HARKEE 5 S IRt
AtTPPDJ& T 4L/ I+ H TPP R R BY 01 2 —, & —Ff
SENL TSR . 5= ACTPPD AR IR X o 26 o
i8S S AR, T i B R IA ArTPPD(FIAE Fk 23 [ N iE
WKV 5 AT R R R 30, X ki a R I
H B A (K iR 32, 2 B AtTPPDAE 25 s 2614 T i
FHEAC ] (KrasenskyZ52014) .

6 HEESSEYMHENEEIER

PS5 5 A K K (auxin). 415324 K (cy-
tokinin, CTK). GA. ABA. ETH. JH3% 2 P ig(bra-
ssinosteroid, BR). il 4 N Bk (strigolactone, SL)%5
F R R Z AR BAEH
6.1 EESE5EKE

AR RS ES YA CEE R EYE, IS
M HES & . X B A (Fragaria < ananassa)#EATE K
F1 00 7] Ak B o el R A SR SR B B RG I T 6 B
FEACTEAT A K R MRS F A F b 3, S EE

FEH R A K EAS 5 1 AT VA 1 RERE 5 BBl (sucrose
synthase, SS) TR .l (acid invertase, AT)% 3=
BRI R AR AR

WA E KRS & HRAOGEERT
Jo B 5 R S R WA RE R AR 7 K, AT 5 i A K
A& i (Retzer Ml Weckwerth 2021). %8 % B
s AR K R A UM G R YUC (YUCCA, a flavin-
containing monooxygenase). A=K i A AL
PINI (pin-formed 1), 4K R4 & E ALK ABPI
(auxin binding 1) PA ¢ A2 K 38 2 AR KL (K TIR T ) 3
/K F-(Mishra%:2022; [%13).

BEAA KA RIER AR B AL T, T
WD bZIP11 )33k, TibZIP L2 3 I442/SHY 211
B, IR 7 AR EY, vV B 1) i ) B (e REABIS
RIS, Feok T ABISHIHIPIN IFERR AR IO AL 2, [
R AR K FR KT, AT 2 AR 23 A2 X1 T AR (Yuan 5%
2014; Mishra%52022)., Hb_ L3P~ A Gle 54K &R
15 5 3L FBIE TOR(E 5l B, 380 A H 2 b 4n
Moy gE, Jt— 02 3R B ) A2 K (Mishrag$2022).
EIIR B Suc sk R ASUC4AZ 5 MUl rg I+ AR
A, T R B Suc s H ] EAR R ARG, HLRAR AR
atsuc4 %} i B Suc Y REUREEE T B2, 6 3 AR AR 410 1
YERN e i —2 B0 RN, atsuc4 A R ABA
Wb, TIIAASE I, HYF 22 50 s FARH DL K
ABAfE SR HIFE R R IL KT, T2 IAALE
5 R 5% 1 3k IR 0k K R (Lin%52022). WOX7
TS RIS, ERAKEMH; WOXT7EN A
FANH CYCD6, 1323 AN AR & & , R R s
R A0 B E wox 758 28 7K Hh i 55 (Kong 2
2016). ItA4b, i AXR2 (auxin response 2). AXR3
LR WZS HGIe SRR ARTBAFRAIR £
A5 Ak 45 5 T (MishraZ$2022; 83).

6.2 #E{E55CTK

BERFECTK S NS 5 5 SAH I R sk,
Glc 1 /IPT3 (isopentenyl transferase 3). CKX4 (cyto-
kinin oxidase 4). HK4 (histidine Kinase 4). ARRI0
(Arabidopsis response regulator 10). ARR6. ARRS.
CRFI. CRF2. CRF3%:FE N3¢, M=, Gle N ifi
CKX5.AHK2. ARRI. ARR2F1ARR11%%1%(Kushwah
HlLaxmi 2017).
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Fig. 3 Signal network between sugar and hormones regulating plant growth and development

ABI4/5: ABA insensitive 4/5, ABA T #X 2 4/5; ANAC060: Arabidopsis NAC domain containing protein 60, 2-NAC 4 #)
RE 6 60; MYB75: £ MYB% #3% % & 75; bZIP11: basic region-leucine zipper transcription factor 11, A& X -5 R B4k 4%
F A F11; BZR1: brassinazole resistant, i& ¥ & ] A5 A8 £ F0if B B, A4k A4 B F; DELLA: 4 DELLA% #3% % & ; EIN3:
ethylene insensitive 3, T} 14L& 3; E2Fa/b: TORM B HEEAAL 04 k4, HoistiE am e B 1S #A 2L F; HYS: elongated hypocotyl 5,
T RR4h b K 2 H S; HXK: hexokinase, T.4Ei#%B4; IAA3: "%k L85 3; MAX2: more axillary growth 2, AF-box%& &, &5 4 M1k
M4 M Be; SnRK1: A% IE B2 A7 A & & 9084 1; PIFs: phytochrome interacting factors, J.4% & % 48 Z1F /I B -F; PIN: pin-formed,
auxin#r th 24K ; ROP: rho-of-plant, rho GTPase; TOR: target of rapamycin kinase, & 7% % ; SNRK1: FAB IF B fF A & & B4 1
WOXS5/7: WUSCHEL-related homeobox 5/7; YUC: YUCCA, a flavin-containing monooxygenase, 44 % % 49  in £.5; ABA:
abscisic acid, /5. 7% B ; BR: brassinosteroid, 74 3 % P &5; CTK: cytokinin, 282541 % ; ETH: ethylene, ZHr; GA: gibberellin, 7+

%% ; SL: strigolactone, F& 4 1 B5 .

CTKiAERE & . T 575 S /KRS O bk
(AR 2R, 4 73 2R 2% A0 HR R R R A B et b DU (R 3 1
W COE A Suc/FAERS, CTKARER )R> T 4> BEHA
FEFEIAR R, (HAEERR I A ) . SUT1 #4188 A
TEPAN KB B 52 3 T 2 a1 755, 11 SUT2
iz B EAE BT A A R B R A S, CTK AR
LY R SUTIRL R se . [FRE, FR%ES
SWEETSHISWEET13 £ [t # CTK #1111 (Gujjar 55
2021).

CTK 5 ¥ JL [H i — R R Rk . s T
FENSENI % 3% SR E R n KBS, HAeh
3% K Gle MICTK # | ik, H 52 GleMCTK 1) 11 )¢

— AR R PRI .

BT CTKAE 5@ i A M A B Al A% 13
R AH O i [R] 1 3 [R] 2 ak HE T 51 R 20 A A
B, DA B S 0 28 o L B, AT TR i — Ao
PR, FL[F ) i A 5 2 (Zwack FlIRashotte 2013) .
6.3 #EE=5GA

GA—RE LB, HITHED AR,
FragkR %, Gle LIAGATE 5 S ARGL2
(repressor of GA1-3-like 2) 5 ABI3 /) F ik, il
Hil R & . MYBIRE %K FGGS1 (Glucose and
GA signaling 1)%ZDELLAZE AT, SRS 4%
HXK itz A 2 4518, PILGGSTIF I 2 5 GAA
PERIE 55 3, GAFIEREL S 2 HH| GGST R
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E(AR B 22 552012).

IPA13E i+ GAFITWRKY 42 T i # AQ, M
T X ot B R AR AL i A K P A T R . 7K
IPA1 1] LA L 3223805 OsWRKYS I F1OsWRKY7 1 E’J%%ii_
T TFHGATE F B 4 s T OsGAMYB 1) 45 5%
177, dae 240 o-VE Ky Bl 55 IR (1) 358 (He 552021)
GA, Nl & HXK]. HXK2FSUSH: R £ 1A, 14
JRGle FIX 3N R R 5%, RIEGARS HLGIcH R
AI EIEITHXK R (L& 42 SLPH(ZhangZ52014)

WS GASL R IE R B . AR, Uk
JFAtSWEET13 5 AtSWEET 14 [7] i} % 12 Suc 5 GA;
S ARIAR, atsweet] 3l atsweet 14575 AR LE Ny T
JIREAR, B (7 H b, b mGA, A] BATK
Hatsweet] 35 atsweet 1410 G V. Ho, SWEET13V?

ALK 2 8 GALE Mk o 715, SWEET13% V5878
AN #6328 Suc; F Hatsweet3; 14N FEAZAK Sy 7145 3
SWEETI3"° 5 SWEETI13" " (] B %h &, 45 B 8on
[BKNSWEETI 3% i atsweet 3; 140116k 1% 11 5 K
e 182K, X Suc/E SWEET13 2 5468 1%
TR RIR D) . AH R GARIZ Hi 2 4EFF e g
FIDLANT A, R, #hFEGASK XS BUkEMEAS B 7T BE
2 TE A SO 1 AN T R A A P A 4L R ) 2 Ak
£ FI 1 (Isoda%%:2022) .

6.4 PEES5ABA

ABATER— S i o 3 e B2 3 EER,
BEHIANREBEEDERKKRE . RS
T, Z 5MFRIRFIH K QEHE@%%’%?FMEFJ&\ AL
I AR S s i v 5 AR K Rk B I R 1R 1 42 (Shimizu
£2021). ABASHHE S Z MRS T ERM1E
T AL, AT E— 25 5 Wi A 47 1) 4% b A BRI
F&(Chen%2021).

T IS ABAH G 5 A NG 5. &
K ARGl H | ABA B FEfF, F1ZRABA, HEifi
SEFP TR AR R R B SZAH1(ZhuzE2009) .
ERFEEGIcAb T R, AtPIF43E i ABISHI I Fih 15 /%,
M AtPAP1 5 ABIS J3 51454, AtPAP1 5 AtPIFAAH 1.
FEPUN L5 A (Li%52021). ABI4 (ABA
insensitive 4)F% TG H S5, AERHE 5 T
2 A CE IR G (CACCGE CCACHE FP) IE
[F] %% S Wi ABIS 5 SBE2.2 (starch branching enzyme

2.2), Z 51 (BossiZ£2009). GlcH1ABA H.
PEIRE EMRAK, Gl FABISHIFRIE, 455 EM 4>
Az XK SR A 40U R I i AR AE K Gle Bl
B IFABA & R FE K (ABAL. AAO3. ABA3). ABA
55 5 N L R(ABI3. ABI4. ABIS)FEi%, TR
W R IE R (CY70742. CY70744) 3%, I M5
Gl R AR H T N IRABA/KF-(Yuan%52014).

—BEILPR S HE A ABASL[F] 4% . /K FEAGPase
T PEFNE K 2 B A OC IR 1) 3R A 32 Suc 5 ABA
A2 L IF ABAAH R RAZAK, Wiginl (abal)s
gin5 (aba3)FMsun6 (abi4)Z5, X Suc AU (Luss
2015). rsrl-19875 4L RSRI/ESP1HE R H2 1 5] A&
1L, SRR, MABARKBURYE R, Ha
W T A< 6 RD G R A AN KI5 5 7 K F3
N B (Funck 552012). T-DNA i A\ 5% 42 {4 gsm3 %}
Gle FIABA [ BUR M 12 57, 175 14 S (ROS) /K ~F 38 Jin
(Qian%£2020). M4, ABAMEMME*J%%LE H
SWEET11FISWEET 12§ FR 1k, M T 34 e 47 (1) A
jih L (Chen®$:2021) . & A - 2 O A% 1) SR W -6- £E 16
P& I (fructose-6-pyrophosphatase) /& — N Fru/ii 52 2%,
[} 2 5 ABA(E 5 3(Chol1Yoo 2011),
6.5 ¥E{ES5ETH

W ENEE S METHE S A EAEH . U Irgin
RAFAR N Gle AN BUEK, (HXFETHRUK . H A ginl Al
ind{EWi K 5 K B I AR R B AR Gle A Uk
F A/, ETHABUR R K (etr] . ein2. ein3Flein6)
XFGleid . ¥ 3¢[A T EIN3 & ETH (1) 5 25 5 7%
TR, Glell T HXK g HEIN3 ) F#f# . MAPKK
Bl Yoda (YDA)FIEIN3 2 5 AR it il £, 1845 IR
SRR, AT T AP B (Yanagisawa®$2003) .

FEME R EYETHR) & 28liE 5% 3. -4
FEIR Je-1-FR BR & e (1-aminocyclopropane-1-
carboxylate synthase, ACS) j& ETH & it [ 5% 8 [ .
Jiti FH Suc 2= M ITEACS G 1, 1EIRETHIAE A%, %E
KUIMEUE . 75 BIE 26T, Sucidid F-boxH H
ZEITLUPESZ W ETHAE 5 () 47 1 4% [l -+ CTR1 1) &
FHKF, KFa 2 GIGANTEA (G [, 44 1F 5% 1)
AW %b 9 (Haydon52017).
6.6 #E{ES5BR

B FIBR (8] BEAELE P [ AR AE F5 Pt FE (R




1484 TP A B 244 www.plant-physiology.com

AR . BRI S BRAS a5 A 4% T A
A . 75 B2 AF R, B IE M) U 4% BRI (1) 7%
SKE T BRZI T e 5% A BZR 1 H (A2 € 14, {2
AT MR, Ho g RS2 HXK iR 4%
(Zhang%52015). Suciiif TOR-S6K2i& 1515 5 BIN2
FEf#, FEBZRIR RIFE L 43R G R, RIS TY
AER(Sheng52021), EJCIESKAET, REREHI3E 0
5 T BRI 5 1 GSK3-like f 5 A BIN2 X BZR 1
I RIBERRA, MHA R T4 T IR G, HiX
Tl RN AN T-HXK 1A TOR (ZhangZ52021).

B 5 BRIL [F] s W R VDR R AT I G k. B
K FITORARE i B-amylasel (BAMI)IFR &, P& AR 1%
Tt ey, MBRAIBZRI (brassinazole-resis-
tant 1) 7£ B 15 T BAMI 32 3 8 ¢ B AF H (Han 5§
2022). % —J71f, BR& k3 K DWARF (DWF)1E
Iri) R 25 E B B ST R IR (1) R 08, WOk &5 G VE
& 1% (granule bound starch synthase, GBSS). ADP-
I B R EER AL M . VR & RE3/4 (SS3/4). i
3 g (isoamylases 1, ISAT). 8 Jo Tl 12 7l 1 B A2 fir
lif(plastidial phosphoglucomutase, PGM)3& [K] 4%, M
TG IE B 166 -5 AR R (Liug2022)
6.7 #EES5SL

SLj& — M B I AE YRR, £ TR A
MARTE R REBAEKDUSE FRT7 i EZAER, M
PR T SLIY & ORI AU S5 72 o

P 5 SLAL[F 2 5 i MY Sk BE . AN
B ABACH Z=(Rosa hybrida) SLA %3 KIMAX2
(more axillary growth 2) il 1 % A= K F& K| Rh-
BRCI )31k (Barbier452015). 0LFg ¥ hxk] 5848 14
I CTKIK R B, MAX2ZRIE7KF- 34 0m, {23t SLAH
KIME T3, FRIMI 73 BE; T/ IICTKA KA
JESLIK T 52 hock 1 G K 53 1,25 7 (Wang262020) .
A KR I CTKOM SL g 42 40 1) B3 B A0 39t &2 40 = A
K, 17 R B 92> SLAH ZF A= K H0l 4F FH, Ferh
rms3 AR 3 Suc it LR/ Y RZ M /0N, HREBE AT
A0 2 X6 SR 5 AR KR B2 AN S PN R CTKC ) 7K
“F-(Bertheloot55:2020) . # #11 l] 7K 7 5 14 I b
OsCCAIEMR A 43 BEH IR, (RN S 7 BER)
KA T OsCCAI T SLig A (K FH 2 3L K TBI (teo-
sinte branchedl). D14 (dwarfl4), |5 BEF K 2E

(Wang%52020).

BE 5 SLAEIE S W) 5 2 i B AR e LA A
SL 2 I id B mE 2 A R 1110 v = 2, WK 41 M At
T, TAR AL B A I SLi75 3 1 v 3 2 N4 B AE T
(TianZ2018). SLAEUYIGR24 40 3 &K /K FESL &
PR AR AT OB 23 25 1 &, T B Ab BRAE BA I
AR S R AT AR, G B R AR AL B SR R
ALK, IRZESLIT SN 4 R & 2 PR AL, A
T IR I 1R 36 A4 5 3 i FE(Takahashi%52021) .

B 55 SLAH H.AE 5 HE ) 4 v T 25 2 A
SLAH 96 & 28 max 1 '5 max 2 15 Jite N {0% 4 B 76 %) b
MIZHE R, 587 A A L 2R B R Uk A, 4
B B T 25 48 BOIR AR T B AR 2, (N = B 1 B
JEE 5 B A Y R HE — BU(Li%52016)

KI3 & 7 Wi 5 R 0 B A B AR R 4
HEYEK KB,

7 RE

YA NIAEE B IRIBEE S R RS, Wi
SRV S5 J KT R 71 2 R IR 3Rk, T R A 4
PR KBRS R, H AT X BEAR G
EFRE MR RGEM AN 2. FRSuc,
GlcHIFrugh, Xf HARKE R MG 5 &S F % S 7t
B, A a5y T AW RBAL AR B R B R
7z M 8 BAR R B B 5 AL, AR
ANEBEE TS SREERNEREZ ARER, #
B AN [RIAE P 18] & 15 A7 76 A0 B 1) B8 15 5 5 @it
EgmIIRNA. DNAEMI(DNAF 24L). RNAZ
DU A BB SRRt 2 R L)
] 3 5 R0 SR A 5 N A2 A A Jia S R A .

A Jo B H S SR ) A0 e R G IR IR AE S A
R, SRR RS S S, DU N IR 2
Wi, IE mst A 2 I 7T R B RA T 4 e AR 2
BEAH O I RABAR, 4 J5 ] s = a8 4% = (1 Wt 7
FB, B HE TR 7 10 5 DR o B8 4 R ) 1) 22 31 AR
A, DL R BR300 3 AR 5 e b 2 0 AR R R
KIFRW I AER I AL 1 )2 1, 3EnT DL e T
A HE 7R A A W AT 7E DN AR ZEL 88 (A A& 7 T I8 250 4
B9 MWMFREREE S BRET. AIEEK
#1559, LUAKEHE Sl A% . Zobifafint
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